Pilin subunits are transported across the bacterial inner membrane (IM) via the Sec YEG translocon where they are received by a dedicated periplasmic chaperone (FimC, type 1 pili; PapD, P pili). The chaperone helps to fold and stabilise the pilin subunits and shuttles them to the outer membrane (OM)-embedded usher, where they are polymerised into a growing pilus. The usher is composed of a 24-stranded β-barrel pore, a periplasmic N-terminal domain (NTD), two periplasmic C-terminal domains (CTD1 and CTD2) and a plug domain. Once assembled, chaperone-usher pili are organised into two subassemblies: the tip fibrillum and a 1-2 μm long rod. The tip fibrillum is assembled first and requires the sequential addition of a single subunit of 
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